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ABSTRACT.~The dramatic amphibian population declines reported worldwide likely have important ef-
fects on their predators. In the Sierra Nevada, where amphlbian declines are well documented and some
are closely tied to the introduction of nonnative trout, the mountain garter snake, Thamnophis elegans clegans,
preys predominately on amphibians. We surveyed 2103 high-elevation lakes in the Sierra Nevada, quantified
the distributional relationship bmeﬁmmmwﬁs re-
gilla, Rana snuscosa, and Bufo spp) and used this information to evaluate the possibility that amphibian
declines lead to declines of garter snakes. We observed a strong association between amphibian presence
and garter snake presence. The probability.of finding snakes in lakes with amphibians was 30 times greater
than in lakes without amphibians. Lakes with snakes had higher numbers of amphibians within 1 km
(mean = 4018.8) than did lakes without snakes (mean = 642.1). On a landscape scale, in Kip; nyon
National Pagk (where 40% of larger lakes contain nonnative trout) amphibians were found in 52% of lakes,
and 62 garter snakes were found in 33 of the 1059 lakes surveyed. In contrast, in the John Muir Wilderness
(JMW; where 80% of larger lakes contain nonnative trout) amphibians were found in 19% es, and no

snakes were found in any of the 1044 lakes surveyed. Based on thes ¢ that the introduct

of nonna nly to the decline of amphibians but also to the decline of garter snakes.
This study supports the hypothesis thal the presence of amphibians isa pmerequisite for garter snake per
sistence in high-elevation portions of the Sierra Nevada and that the introduction of trout inte an ecosystem

can have serious effects, not just on their prey but also on other predators in the ecosystem.

Recent reports of amphibian declines. through-
out the world (Blaustein and Wake, 1990; Hal-
liday, 1998; Houlihan et al., 2000) have resulted
in many studjes of potential causes of the de-
clines (Blaustein et ak, 1994; Berger et al,, 1998;
Marco et al.,, 1999; Knapp and Matthews 2000a).
Despite the growing body of research, little is
known regarding the impact of the declines on
other species in the ecosystem. Theory predicts
‘that species declines will likely have ramifica-
tions throughout the food web (MacArthur,
1955; De Angelis, 1975; Pimm, 1980). These ef-
fects may be particularly marked on the pred-
ators that rely on the species removed, especial-
ly when there is limited alternative prey avail-

able (Paine, 1966; Lynch, 1979; Pimm, 1980). -

Therefore, we anticipate that the dramatic de-
clines of amphibian populations in some eco-
systems have caused declines in predators that
rely on amphibians as their primary prey.

In the Sierra Nevada of California, there is
considerable evidence that several species of
amphibians have declined or disappeared from
some regions (Bradford, 1991; Drost and Fellers,
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1996; Knapp and Matthews, 2000a). Amphibi-
ans were ubiquitous vertebrates within the his-
torically fishless aquatic habitats of the high Si-
erra Nevada (eg., Grinnell and Storer, 1924).
However, within the past century, trout have
been introduced to the majority of large water
bodies of the high Sierra and are at least par-
tially responsible for the dramatic declines in
some amphibian populations (Knapp and Mat-
thews, 2000b). For example, recent studies
(Bradford, 1989; Bradford et al, 1993; Knapp
and Matthews, 2000a) have documented that
the once common mountain yellow-legged frog,
Rana muscosa, has declined in the ‘Sierra Nevada
in large part because of the introduction of non-
native trout. On a landscape scale (surveys of >
1700 lakes over 100,000 ha), Knapp and Mat-
thews (2000a) found R. mmuscosa were more
abundant in Kings Canyon National Park
(KCNP) where introduced fish are less common
compared to the adjacent John Muir Wilderness
(JMW) where introduced fish are abundant.
One common native predator of amphibians
in the Sierra Nevada is the mountain garter
snake, Thammnophis elegans elegans (Grinnell and
Storer, 1924; Mullally and Cunningham, 1956;
Jennings et al., 1992). California museum collec-
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tions from the 1800s and early 1900s show that
mountain garter snakes ranged throughout the
Sierra Nevada in addition to high elevations of
the San Bernardino Mountains (U.C. Berkeley
Museum of Vertebrate Zoology records, Califor-
nia Academy of Sciences Herpetology Collec-
tion). In the high Sierra Nevada (> 2000" m),
habitat of T. e. elegans is restricted and the snakes
are primarily found in streams, lakes, and wet
meadows where they feed predominately on
amphibians (Grinnell and Storer, 1924). Indeed,
researchers have speculated that the presence of
amphibians mlght be prerequisite for T e. ele-
gans existence in the high Sierra (Jennings et al,,
1992) where long winters and overall low tem-
peratures preclude other snakes from occurring
above about 2500 m (Basey, 1991). Moreover,
Jennings et al. (1992) proposed that as local am-
phibian populations decline or become extinct,
T e. elegans might also disappear. If these hy-
potheses are correct, then garter snakes would
more likely be found in areas with high num-
bers of amphibians and would also more likely
be found in KCNP than in the JMW where am-
phibians have declined more dramatically
(Knapp and Matthews 2000a).
We used analyses based on surveys of over
2000 water bodies in a 130,000 ha area of the
JMW and the adjacent KCNP to describe the re-
lationship between current garter shake distri-
butions and amphibian distributions on a local
and landscape scale. We first quantified the re-
lationship between garter snake presence in
lakes and amphibian presence and abundance
and then used the current information on am-
phibian distributions in the JMW and KCNP to
evaluate whether the large scale declines of am-
phibians described for J]MW has led to fewer
garter snakes, as predicted by Jennings et al
(1992).

MATERIALS AND METHODS

As part of a larger study to determine the
effect of introduced trout on native biota (Mat-
thews and Knapp, 1999; Knapp and Matthews,
2000a), we surveyed 2103 lakes and ponds (all
will be referred to as lakes) in the JMW and
KCNP (Fig. 1) between 1995 gi-d 1997., Lakes
were identified from US. G eoloE'cal Suﬁy

(USGS) 1:24, ()00 topogral hu. Maps

y. All lakes‘were visited
and surve within the 130,000 ha study area.
The MW and KCNP study areas are adjacent
protected areas which were historically fishless
(Fig. 1; Knapp, 1996) and are generally similar
in habitat except that there are more lakes with
introduced trout in the JMW than in KCNP
(Knapp and Matthews, 2000a). Aerial trout
stocking continues in the JMW which is man-

areds, respective

Fic. 1. Map of lakes surveyed within the John
Muir Wilderness and Kings Canyon National Park
study areas. The dark drcles surroind the lakes where
garter snakes were found. The inset map shows the
state of California, the historically fishless area of the
Sjerra Nevada, and the study areas in gray.

aged by the U.S. Forest Service but trout stock-
ing was phased out in Kings Canyon National
Park starting in the late 1970s. Lakes in the two
alpine study areas both average 3400 m in ele-
vation and have similar physical and chemical
characteristics (Knapp and Matthews, 2000a) re-
sulting from their common glacial origin and
their location in watersheds dominated by intru-
sive igneous bedrock (California Division of
Mines and Geology, 1958; Melack et al,, 1985).
With the exception of introduced fishes and low
impact recreation, both areas are relatively un-
disturbed.

Surveys were conducted during the summer
months when lakes were ice-free and amphibi-
ans, fish, and snakes were active. The species
and number of anmphibians and snakes at each
lake was determined using visual encounter
surveys (Crump and Scott, 1994). Each surveyor
walked the shoreline of the entire lake or pond
during daylight hours, noted the time, temper-
ature, and species and number of snakes and
amphibians. We counted the number of larval,
subadult, and adult amphibians, and the pres-
ence and number of snakes. Some surveys were

conducted during the early mommg or evening
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hours when chances of observing T. e elegans
© and R. muscosa were lower (Gibson and Falls,
-1979; Rossman et al., 1996; Pope, 1999); thus, we

presumably underestimated their true numbers.

To determine whether similar weather condi-
tions (which may affect survey numbers of am-
phibians and reptiles) existed between the JMW
and KCNP in the different years surveyed, we

compared the air lemperatures at the time of the ,

surveys. Potential amphibians in the sampled
lakes were R. muscosa, Pseudacris regilla, Bufo can-
orus, and Bufo boreas. Amphibians were identi-
fied to species except for Bufo canorus and B.
boreas, which were combined into Bufo spp.
caused by the difficulty of distinguishing the
larval forms of the two species.

The presence or absence of trout (Oncorhyn-
chus mykiss X Oncorhynchus mykiss aguabonita
hybrids, Salvelinus fontinalis, and. Salmo trutta)
was determined at each lake using visual en-
counter surveys or gilinets. In shallow lakes (<
3 m deep) in which the entire bottom could be
seen, trout presence or absence was determined
using visual encounter surveys conducted while
walking the entire shoreline and the first 100 m
of each inlet and outlet stream. In deeper lakes,
we determined fish presence or absence and
species composition using a single monofila-
ment gill net set for 8-12 h.

Analyses—We conducted analyses at both the
scale of individual lakes and at the landscape
scale by comparing the JMW and KCNP study
areas. To determine the general relationship be-
tween the presence/absence of snakes and am-
phibians at the lake scale, we used chi-square
tests to determine whether the proportion of
lakes containing amphibians differed between
lakes where snakes were found and lakes where
snakes were not found. Separate chi-square tests
were also performed for lakes with specific am-

. phibian species (R. muscosa only, P. regilla only,
or both R. muscosa and P, regilla). We also tested
whether the proportion of lakes containing trout
differed between lakes w1th snakes and lakes
without snakes.

Also at the lake scale, we used ]ogwtm Te-
gression (Cleveland and' Devlin 1988; Hastie
and Tibshirani, 1991) to determine the relation-
ship between garter snake presence in lakes and
amphibian’ presence while simultaneously ac-
counting for the effects of potenhally confound-
ing variables (trout presence, elevation, lake
area, and lake depth) that have been shown to
be related to amphibjan presence or absence
(Pope, 1999; Knapp and Matthews, 2000a).- Be-
cause no snakes were found in the JMW (see
Results), we only used KCNP lakes for this anal-
ysis. We used the likelihood ratio statistic and
Akaike information criteria (AIC; Linhart and
Zucchini, 1986) to determine the significance

“in the

and relative importance of each covariate in the
presence of all other covariates. After account-
ing for the effects of all observed significant
habitat variables, we used the odds raho {Hastie
and Tibshirani, 1991) to detemune the differ-
ence in the odds of finding T. e. elegans in the
presence versus absence of amphibians. We also
used the 1059 KCNP lakes to develop a gener-
alized additive model (nonparametric linear re-
gression) to quantify the relationship between
the total number of snakes in a lake and the
total number of amphibians while accounting
for the effects of elevation, trout presence, and
lake area using the equation

N, ~ trout presencefabsence + lo[log{amphibians +
. 0.5)] + In(elenation) + loflog(lake area)]

where N; = number of garter snakes found in .
a lake and Db () is the nonparametric loess
smooth function. All regression-related calcula-
tions were made using S-Plus 2000 (MathSoft, -
Seattle, WA, 1999).

In addition to testing whether garter snake
presence/absence in a lake is related to am-
phibian presence in the same lake, we also test-
ed whether garter snakes were found in areas
with higher numbers of amphxbxans (larvae,
subadults, and adults). To test the prediction
that garter snakes would be more likely to be
found in areas with higher amphibian numbers,
we compared the number of amphibians in a 1
km radius of the 33 lakes where garter snakes
were found versus the number of amphibians
found within 1 km of the 33 random lakes not
inhabited with garter snakes. Using ArcView
3.1 (ESRI, Redlands, CA, 1996), we encircled ar-
eas surrounding each of the 33 garter snake
lakes (1 km radius starting at the center of the
garter snake containing lake), and 33 randomly
chosen lakes lacking snakes in KCNP, and enu-
merated all amphibians found in the lakes with-
circles. We then computed the' total num-
ber of amphibians within all 'circles, and com-
pared (i-test, « = 0.05) the mean number of am-
phibians per zone around lakes with snakes to
the mean number of amphibians in the random-
ly chosen lake zones. We chose the 1 km radius-
distance because, although little is known re-
garding T e. elegans movement distances, stud-
ies of R. muscosa movement distances (Matthews
and Pope, 1999; Pope, 1999) show that move-
ment is typically less than 1 km and restricted,
within basins. Therefore, if garter snake distri-
bution is related to amphibian distribution in
the high Sierra, their movements may be simi-
larly restricted.

At the landscape scale, we mmpared the

" number of snakes found in'a region character-

ized by more severe amphibian declines JMW)
to a region with less severe amphibian declines
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Fc. 2. Comparison of the percentage. of surveyed
lakes with amphibian species (A), Rana muscosa (B),
Pseudacris regilln (C), Rana muscosa and Pseudacris re-
gilla (D), and trout (E) in the 33 lakes where anakes
were found and the 2070 lakes in the total study area
(IMW and KCNP) where snakes were not found.

(KCNP). We first compared the proportion of
lakes with amphibians in KCNP versus JMW
(chi-square test) and then compared number of
snakes found in the two regions.

Rl;bULTS

A total of 62 garter snakes were found in 33
of the 1059 lakes surveyed in KCNP, and no
snakes were found in the 1044 JMW lakes. The
occurrence of garter snakes in a particular lake
was closely linked to the presence of amphibi-
ans: of the 33 lakes with garter snakes, 97% also
contained amphibians. In contrast, only 36% of
lakes without garter snakes contained amphib-

TABLE 1.

19

ians (Fig. 2A; x* = 80.8, P < 0.001). An assess-
ment of the association between snakes and spe-
cific amphibian species indicated that 64% of .
lakes with snakes also contained R. muscosa ei-
ther alone or with other amphibians. In contrast,
only 20% of lakes without snakes contained R.
muscosa (Fig. 2B; x* = 36.1, P <.0.001). More-.
over, 70% of lakes with snakes contained P, re-
gilla either alone or with other amphibian spe-
cies versus 19% of lakes without snakes (Fig. 2C;

= 50.6, P < 0.001), and 36% of lakes with
snakes contained both R. muscosa and P regilla
together versus 6% of lakes without snakes (Fig.
2D; x* = 23.2, P < 0.001). Bufo spp. were rare in
the study areas (found in < 0.4% of all Jakes
surveyed) and were only seen in-one KCNP lake
with snakes (1300 tadpoles) and, therefore, were
not included in the analyses. Finally, a negative -
association was found between snake presence
and trout presence: 24% of trout-free lakes also
contained snakes while only 12% of trout-con-
taining lakes contained snakes (Fig. 2E; x* = 4.1,
P = 0.04).

Garter snakes did not associate dlspropor-
tionately with R. muscosa versus P. regilla (x> =
0.6, P = 0.45) but did disproportionately asso-
ciate with R. muscosa and P, regilla together ver-
sus either spedies alone (x* = 27.2, P < 0.001)."

The logistic regression analysis of the study
lakes in KCNP (N = 1039) indicated that the
probability of snake presence was positively as-
sociated with presence of amphibians (P <
10-%), negatively associated with elevation (P <

-0.001), and positively associated with lake area

(P = 0.004; Table 1). No other significant rela-

. tionships were observed when all other vari-

ables were included (Table 1). After controlling
for elevation and lake area, the probability of
finding T. e elegans in lakés with amphibians
was 30 times greater than in lakes without am-,
phibians (approximate 95% confidence limits:

3.7-238.7). The high variability in the confidence

* limits is likely due to the overall low number of

snakes observed. Total snake numbers in lakes

Test statistic, statistical sngruficance (P-value), AIC values and direction of effect of the variables

in the logistic regression model assessing the probability of tinding Thamnophis elegans elegnns at a lake. Variables
ordered by relative significance determmed by AIC value.

Test Direction
Varjable statistic* df P-value AICY of effect
Amphibian presence/absence 24.2 08 57 X 107 267.7 +
Elevation 189 4.1 89 x 104 2559 -
Lake area* 15.6 4.2 0.004 2524 +
Maximum depth 7.5 a5 008 - 245.8 -
Fish presence/absence 21 0.9 0.14 244.6 NA

* Test shatistic = log likelihood ratio statistic.

» AIC = Akaiki information criteria = 2 (max. log likelihood) + 2 (number of parameters).

¥ Log-transformed.
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TABLE 2. Test statistic (F-value) and statistical sig-
nificance (P value) of the variables in the linear re-
gression model for total number of snakes in a lake
in Kings Canyon National Park (N = 1059; df, = 1055
and df, = 1 for all variables).

F- Direction
Variable value  P-value of effect
Total amphibians* 240 1.1 X 10-% +
Elevation 115 7.2 X 10 -
Lake area* 64 ° 001 +
Fish presence/absence 2.6 011 -
* Log-transformed. )

in KCNP were also positively associated with
total amphibian numbers (linear regression, P <
107%) after accounting for possible habitat and
trout effects (Table 2).

An examination of the 1-km zones surround-

ing lakes with and. without garter snakes in
KCNP indicated that zones containing garter
snakes (N = 33) had more amphibians than did
randomly chosen zones {N = 33) without snakes
(mean = 4018.8 versus 642.1, respectivély, t-test:
P < 0.001).
- On a landscape scale, amphibians were found
in a hlgher proporbon of lakes in KCNP (52%)
than in the' [MW (19%; x? = 249.2, P < 0.0001).
In support of the hypothesis that garter snake
distribution will be affected by amphibian de-
clines, we found 62 garter snakes in KCNP
(3.1% of surveyed lakes), whereas rio garter
snakes were observed in the JMW. We found no
difference in air temperatures (14°C median for
both KCNP and the JMW: Mann-Whitney rank
sum, P = 0463) during surveys conducted in
the different years.

DiscussioN

Our results indicate a strong relationiship be-
tween garter snakes and amphibians in the

aquatic ecosystems of the high-elevation Sierra

Nevada and lend support to the prediction of

Jennings et al. (1992) that am}zhlbum declines
will lead to garter snake ‘declines. At the local
scale, we found that garter snake presence in
lakes was positively associated with presence
and numbers of amphibians. At the landscape
scale, we did not find any snakes in.the JMW
where dramatic amphibian declines have been
reported and are at least partially attributed to
the high proportion of lakes containing nonna-
tive trout (Knapp and Matthews, 2000a). In con-

trast, we found garter snakes in the unmedlatgly_,,

adjacent KCNP where amgﬁlslan declines are
ess severe and a smaller proportion of lakes
confam introguceq trout. Although 19% of J]MW
Takes do contain amphibians, this likely repre-

sents a dramatic decline from the historic dis-
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tributions and the remaining populations may
not be adequate to support snakes.

One explanation for the snake distributional
patterns we observed is that nonnative trout
may prey on snakes and could therefore con-
tribute directly to their decline. Indeed, snakes
were found less often in lakes containing trout,
but this finding is confounded by the fact that
trout-containing lakes were also significantly
less likely to contain amphibians (Knapp and
Matthews 2000a): We_never observed any fish:
snake interactions in our surveys of 2103 Jakes,,,
and i qualitative inspections of more than 1200
fish stomachs in our Eai(’é surveys (RIC and KM,
unpubl. data) we never found.any, @fes More-
over, in contrast to the highly signiticant effect
of amphibian presence on snake presence, the
presence of trout was not a significant predictor
of garter snake presence/absence in our regres-
sion analyses. Therefore, we suspect that the
distribution of amphibian prey may be the pri-
mary factor determining snake distribution and
abundance among lakes. However, we cannot
exclude the possibility that trout occasionally
prey directly on snakes.

Jennings et al. (1992) found garter snakes. pri-
marily associated with P regills and Bufo spp.,
and never with R. muscosa, possibly because of
the relatively small number of water bodies
sampled (115). Based on their data, they spec-
ulated that T. e. elegans would not be affected by
R. muscosa population changes because they
were never found together. In our study, garter
snakes were commonly associated with R, mus-
cosa, and we suggest that the dramatic R. mus-
cosa declines in the JMW are at least partially
responsible for the lack of garter snakes ob-
served in the JMW. We suspect that both the
larger R.' muscosa and smaller P, regilla are im-
portant prey for T. e. elegans depending on the
snake's life-history stage because prey size pref-
erence often increases with garter snake size
(White and Kolb, 1974; Macias Garcia and
Drummond, 1988; Amold, 1993). It also seems
likely that smaller snakes rely more on P, regilla
and R. muscosa tadpoles, whereas larger adult
snakes rely more on subadult and adult R. mus-
cosa.

Although garter snakes are reportedly oppor-
tunistic feeders (Kephart, 1982; Kephart and Ar-
nold, 1982), garter snakes in high mountain
lakes of the Sierra Nevada appear unable to
switch to alternative prey following amphibian
disappearances. Perhaps because high-elevation
ecosystems are relatively species poor (Schoen-
herr, 1992), there are no suitable consistent and
abundant alternative prey to sustain the snakes
in the harsh environmenial conditions (e.g.,
long, cold winters and short summers). Other
typical prey eaten by garter snakes include in-
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.v'ertebrates,‘ fishes, and small mammals (Ross-'

man et al., 1996). Although fish are reported as
being part of the diet of T. elegans in other areas
(White and Kolb, 1974; Arnold, 1977; Kephart
and Amold, 1982), we never saw any evidence
of garter snakes foraging on trout and rarely
saw T. e. elegans in the same water body as trout.
Researchers have reported that T. elegans is inept
at capturing fish unless they are stranded in
shallow water (Kephart and Arnold, 1982). In
over 100 h of garter snake observations in Kings
Canyon National Park, we have only observed
garter snakes feeding on amphibians (about 20
observations), and have never observed them
teeding on invertebrates, fish, or small mam-
mals (KP and KM, unpubl. data). Nevertheless,
a quantitative assessment of garter snake prey
is needed.

Although fish stocking has long been thought
of as a beneficial activity with few environmen-
tal consequences, it should be expected that a
such a major perturbation across a large land-
scape would have a profound influence on food
webs (Zaret and Paine, 1973; Crowder et al,
1996), especially in less complex ecosystems
(Pimn, 1984). There is now considerable evi-
dence of important landscape-scale consequenc-
es of the widespread fish introductions of pred-
atory fish to native prey species such as zoo-
plankton (Stoddard, 1987; Bradford et al., 1998;
Knapp et al,, 2001), amphibians (Bradford 1989;
Fisher and bhaffer, 1996) and benthic inverte-
brates (Bradford et al,, 1998; Carlisle and Haw-
kins, 1998; Knapp et al., 2001). This study points
out that introduced trout can also have serious
effects on other predators in the ecosystem with
whom they compete for prey, and that these im-
pacts extend beyond the limits of the lake shore-
lines and into terrestrial habitats. Thus, in ad-
dition to the direct predatory effect of fish in-
troductions on aquatic invertebrate and amphib-
ian populations, fish introductions are further
disrupting the high-elevation ecosystems of the
Sierra Nevada by also affecting amphibian pred-
ators. Although beyond the scope of this study,
we would also expect that the reduction of gar-

ter snakes in the high Sierra likely has addition-

al impacts on their predators and other species
in the ecosystem:

Ackiowledgments.—We thank 23 field assis-
-tants for their help with data collection, D. Court
and S. Mazzoni for GIS support, H. Preisler for
statistical assistance, B. Jennings' for helpful
comments on an earlier version of the manu-
script, and L. Decker who was instrumental in
obtaining funding for this project from the U.S.
Forest Service’s Region 5 Ecosystem Conserva-
tion Group. The research was also supported by
the USFS Pacific Southwest Research Station.

LITERATURE CITED

ARrNOLD, 8. J. 1977. Polymorphism and geographic
variation in the feeding behavior of the garter
snake Thamnophis elegans. Sclence 197:676-678.

- . 1993. Foraging theory and prey-size-preda-
tor-size relations in snakes. In R. A. Seigel and J.
T. Collins (eds.), Snakes: Ecology and Behavior, pp.
87-115. McGraw-Hill, New York.

Basgy, 1. E. 1991. Discovering Sierra Reptiles and
Amphibians. Yosemite Assoc. and Sequoia Natural
History Association, Yosemite National Park, CA.

 BERGER, L., R. SPEARE, P. DASZAK, D. E. GREEN, A. A.

CUNN[N(;HAM, C. L. GoGain, R. SLocoMsE, M. A, .
Racan, A. D. Hyarr, K. R. McDoNaLp, H. B.
HINES, K. R. Lirs, G. MARANTELLL, AND H. PARKES.
1998. Chytridiomycosis causes amphibian mortal-
ity assaciated with population declines in the rain
forests of Australia and Central America. Proceed-

ings of the National Academy of Sciences 91:9031-
9036. -

BrausTiIN, A. R, aAND D. B. WAKE. 1990. Declining
amphibian populations: A global phenomenon.
Trends in Ecology and Evolution 5:203-204.

BLAUSTEN, A. R., P. D. HoremaN, G. D. Hoxir, . M.
KIESECKER, S. C. WALLS, AND J. B, Havs. 1994. UV
repair and resistance to solar UV-B in amphibian
eggs: a link to population declines? Proceedings of
the National Acadenvy of Sciences 91:1791-1795.

BraDFORD, D). E 1989. Allotopic distribution of native
frogs and introduced fishes in high Sierra Nevada
lakes of California: implication of the negative ef-
fect of fish introductions. Copeia 1989:775-778.

. 1991. Mass mortality and extinction in a
high-elevation population of Rana muscosa. Journal
of Herpetology 25:174~177.

BRADFORD, D. E, E TABATABAL, AND ID. M. GRABER.
1993. Isolation of remaining populations of the na-
tive frog, Rana muscosa, by introduced fishes in Se-
quoia and Kings Canyon National Parks, Califor-
nia. Conservation Biology 7:882-888.

BrRADFORD, D. E, S0 D. Coorsr, T.'M. ). Jenkins, K.
KRATZ, O. SARNELLE, AND A. D. BROWN. 1998. In-
fluences of natural acidity and introduced. fish on
. faunal assemblages in California alpine lakes. Ca-
nadian fournal of Fisheries and Aquatic Sciences
55:2478-2491.

CALIFORNIA DIVISION OF MINES AND GEOLOGY. 1958,
Geologic atlas of California. California Department
of Conservation, Sacramento.

CarLSLE, D. M., AND C. I> HAwKINS. 1998. Relation-
ships between invertebrate assemblage structure, 2
trout species, and habitat structure in Utah moun-
tain lakes. Journal of the North American Benthol-
ogical Society 17:286-300. -

CLEVELAND, W. S, AND §. J. DEVLIN. 1988. Locally
weighted regression: an approach to regression
analysis by local fitting. Journal of the American
Statistical Association 83:596~610.

CROWDER, L. B., ) P. REAGAN, AND ). W. FRECKMAN.
1996. Food web dynamics and applied problems.
In G. A Polis and K. O. Winemiller (eds.), Food
Webs: Integration of Patterns and Dynamics, pp.
327-336. Chapman and Hall, New York.

CruMr, M. L., AND N. J. Scotr jR. 1994. Visual en-
counter surveys. In W, R. Heyer, M. A. Donnelly,
R. W. McDiarmid, L.-A. C. Hayek, and M. 5. Foster




2 K. MATTHEWS ET AL.

{eds.), Measuring and Moniteoring Biological Di-
versity: Standard Methods for Amphibians, pp.
84-91. Smithsonian Institution Press, Washington
DC.

Ds AnGELIS, D. L. 1975. Stability and connectance in
food web models. Ecology 56:238-243.

Drost, C. M., AND G. M. FELLERS. 1996. Collapse of
a regional frog fauna in the Yosemite area of the
California Sierra Nevada. Conservation Biology 10:
414-425..

FisHER, R. N., AND H. B. SHAFFER. 1996. The decline
of amphibians in California’s Great Central Valley.
Conservation Biology 10:1387-1397.

Greson, A. R, AND . B. FALLS. 1979. Thermal biology
of the common garter snake Thammophis sirtalis
(L.}, 1. Temporal variations, environmental effects
and sex differences. Oecologia 43:79-83. .

GRINNELL, ., AND T. L. STORER. 1924. Animal Life in

' the Yosemite. University of California Press, Berke-
ley.

HaLupay, T. R. 1998. A declining amphibian conun-
drum. Nature 394:418-419.

HASTIE, T., AND R. TBSHIRANL 1991. Generalized Ad-
ditive Models. Chapman and Hall, London.

Houuman, [ E., C. S. FmpoLay, B. R, ScamMipr, A. H.
MEVYERS, AND S. L. KuzmiN. 2000. Quantitative ev-
idence for global amphibian declines. Nature 404:
752-755.

JenNINGS, W. B., D. E BRADFORD, AND D. F JOHNSON.
1992. Dependence of the garter snake Thamnophis
elegans on amphibians in the Sierra Nevada of Cal-
ifornia. Journal of Herpetology 26:505-508.

KerHART, D. G. 1982, Microgeographic variation in
the diets of garter snakes. Oecologia 52:287-291.

KEerHART, D. G., ANDS. J. ARNOLD. 1982. Garter snake
diets in a fluctuating environment: a seven year
study. Ecology 63:1232-1236.

Knaere, R. A. 1996. Nom-native trout in the natural
lakes of the Sierra Nevada: an analysis of their dis-
tribution and impacts on native aquatic biota. In
Sierra Nevada Ecosystem Project, Final Report to
Congress. Vol. 3. Center for Water and Wildland
Resources, pp. 363-390. University of ‘California,
Davis.

Kwarr, R. A, AND K. R. MaTTHEWS. 2000a. Non-na-
tive fish introductions and the decline of the
mountain yellow-legged frog from within protect-
ed areas. Conservation Biology 14:428-438,

. 2000b. Fffects of nonnative fishes on wilder-
ness lake ecosystems in the Sierra Nevada and rec-
ommendations for reducing impacts. Proceedings:
Wilderness Science in a Time of Change. Proceed-
ings RMRS-P-15 Vol. 5:312-317, US. Department
of Agriculture, Forest Service, Rocky Mountain Re-
search Station, Ogden, UT.

Knarr, R. A, K. R. MATTHEWS, AND O. SARNELLE.
2001. Resistance and resilience of alpine lake fau-
na to fish introductions. Ecological Monographs
71:401421.

LiNHART, H,, aAND W. ZuccHing, 1986. Model selec-
tion. John Wiley and Sons, New York.

LyncH, M. 1979. Predation, competition and zoo-
plankton community structure: an experimental
study. Limnology and Oceanography 24:253-272.

MACARTHUR, R. 1955. Fluctuations of animal popu-
lations, and a measure of community stability.
Ecology 36:533-536.

MACIAS GARCIA, C., AND H. DRUMMOND. 1988. Sea-
sonal and ontogenetic variation in the diet of the
Mexican garter snake, Thammophis eques, in Lake
Tecocomulco, Hildago. Journal of Herpetology 22:
129-134.

MARCO, A., C. QUILCHANO, AND A. R. BLAUSIEIN.
1999. Sensitivity to nitrate and nitrite in pond-
breeding amphibians from the Pacific Northwest,
USA. Environental Toxicology and Chemistry 18:
2836-2839.

MatTHEWS, K. R, AND R. A. KNAPP. 1999, A study
of high mountain lake fish stocking effects in the
US. Sierra Nevada Wilderness. International Jour-
nal of Wilderness 5:24-26. -

MATTHEWS, K. R,, AND K. L. POPE. 1999. A telemetric
study of the movement patterns and habitat use of
Rana muscosa, mountain yellow-legged frog, in a
high-elevation basin in Kings Canyon National
Park, California. Journal of Herpetology 33:615-
623.

MELACK, J. M., J. L. STODDARD, AND C. A. OcHs. 1985.
Major ion chemistry and sensitivity.to acid precip-
itation of Sierra Nevada lakes. Water Resources Re-
search 21:27-32.

MuLLALLY, D. P, AND J. D. CUNNINGHAM. 1956. Eco-
logical relations of Rann muscosa at high elevations
in the Sierra Nevada. Herpetologica 12:189-198.

PAaINE, R. T. 1966. Food web complexity and species -
diversity. American Naturalist 100:65-75.

PmvM, 8. L. 1980. Food web design and the effect of
species deletion. Oikos 35:139-149.

. 1984. The complexity and stability of ecosys-
tems. Nature 307:321--326.

Porg, K. L. 1999. Mountain Yellow-Legged Frog Hab-
itat Use and Movement Patterns in a High Eleva-
tion Basin in Kings Canyon National Park. Unpubl.
master’s thesis, California Polytechnic State Uni-
versity, San Luis Obispo.

RossMAN, D. A, N. B. FORD, AND R. A. SEIGEL. 1996.
The Garter Snakes: Evolution and Ecology. Uni-
versity of Oklahoma Press, Normari.

SCHOENHERR, A. A. 1992. A Natural History of Cal-
ifornia. University of California Press, Berkeley.

STODDARD, J. L. 1987. Microcrustracean communities
of high-elevation lakes in the Sierra Nevada, Cali-
fornia. Journal of Plankton Research 9:631-650.

WHITE, M., AND ]. A. Kou. 1974. A preliminary
_study of Thamnophis near Sagehen Creek, Califor-
" nia. Copeia 1974:126-136.

ZAreT, T. M., AND R. T. PAINE. 1973, Species intro-
duction in a tropical lake. Science 182:449455.

Accepted: 11 April 2001.




